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Threshold evolution in exotic populations of a
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ABSTRACT
Polyphenic development is thought to play an important role in the evolution of phenotypic
diversity and morphological novelties, yet the evolution of polyphenisms has rarely been docu-
mented in natural populations. Here we compare the morphologies of male dung beetles
(Onthophagus taurus; Coleoptera: Scarabaeidae) from populations introduced to Australia
and the eastern United States. Males in this species express two alternative morphologies in
response to larval feeding conditions. Males encountering favourable conditions grow larger
than a threshold body size and develop a pair of horns on their heads, whereas males that
encounter poor conditions do not reach this threshold size and remain hornless. Australian and
US populations did not differ in overall body size ranges, but exhibited significant differences
in the location of the critical body size threshold that separates alternative male morphs.
Australian males remained hornless at much larger body sizes than males in US populations,
resulting in substantial and significant differences in the average body size–horn length
allometry between exotic populations, as well as significant differences in morph ratios.
The phenotypic divergence observed between field populations was maintained in laboratory
populations after two generations under identical environmental conditions, suggesting a
genetic basis to allometric divergence in these populations. Divergence between exotic O. taurus
populations was of a magnitude and kind typically observed between species. We use our results
to examine potential causes of allometric divergence in onthophagine beetles, and discuss
the evolutionary potential of threshold traits and polyphenic development in the origin of
morphological and behavioural diversity.
Keywords: adaptive phenotypic plasticity, alternative tactics, developmental threshold, exotic
species, horn polyphenism, Onthophagus, status-dependent selection, threshold evolution.
INTRODUCTION
Organisms commonly adjust their phenotype to suit current or future environmental
conditions, a phenomenon referred to as adaptive phenotypic plasticity. An extreme yet
common case of adaptive phenotypic plasticity is polyphenism: the existence of discrete
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morphological variants within populations, expressed facultatively in response to the
internal or external environment experienced by an individual. Examples of polyphenisms
include predator-induced polyphenisms (e.g. Daphnia: Grant and Bayly, 1981; barnacles:
Lively, 1986a,b), seasonal polyphenisms (e.g. Lepidoptera: Shapiro, 1976; Koch and
Bückmann, 1987; Kingsolver, 1995), dispersal polyphenisms in a wide range of insects
(Zera and Denno, 1997), caste polyphenisms in social Hymenoptera (e.g. Weaver, 1957;
Wheeler and Nijhout, 1983) and alternative male morphologies in many arthropods
(e.g. thrips: Crespi, 1988; acarid mites: Radwan, 1993; beetles: Moczek and Emlen, 1999).
Polyphenic development is thought to play a pivotal role in speciation and the evolution of
morphological and behavioural novelties (e.g. West-Eberhard, 1989, 1992).
The proximate factors that determine which phenotype is produced are known for many
polyphenisms (Velthius, 1976; Smith, 1978; Hazel and West, 1979; de Wilde and Beetsma,
1982; Denno et al., 1986; Lively, 1986a,b; Wheeler, 1986; Harris, 1987; Grayson and
Edmunds, 1989; Greene, 1989, 1996; Zera and Tiebel, 1989; Pfennig, 1990; Denver, 1997).
Furthermore, the developmental and endocrine mechanisms that adjust developmental
pathways to environmental conditions are at least in part understood for some poly-
phenisms (e.g. Okkut-Kotber, 1980; Wheeler and Nijhout, 1983; Endo and Funatsu, 1985;
Hardie, 1987; Koch and Bückmann, 1987; Zera and Tobe, 1990; Pener, 1991; Wheeler,
1991; Nijhout, 1994, 1999; Rountree and Nijhout, 1995; Zera and Denno, 1997; Emlen
and Nijhout, 1999; Starnecker and Hazel, 1999). How these mechanisms evolve in natural
populations is, however, still poorly understood (Moczek and Nijhout, in press). Several
theoretical models characterize evolution of threshold traits (Lively, 1986b; Hazel et al.,
1990; Moran, 1992; Hazel and Smock, 1993; Roff, 1994; Gross, 1996; Gross and Repka,
1998), and geographic comparisons and breeding experiments illustrate that thresholds
often vary heritably among populations (Tauber and Tauber, 1972, 1982; Harrison,
1979; Hazel and West, 1982; Semlitsch and Wilbur, 1989; Semlitsch et al., 1990; Denno
et al., 1996; Emlen, 1996; Ahlroth et al., 1999). However, the ecological factors that may
shape the evolution of polyphenism in natural populations are largely unexplored, as are
the consequences of such evolutionary modifications for patterns of morphological
diversity.
An interesting example of polyphenic trait expression involves the development of horns
in a number of beetle species, in which large ‘major’ males produce horns, whereas smaller
‘minor’ males remain hornless (Paulian, 1935; Eberhard, 1982; Cook, 1987; Eberhard and
Gutierrez, 1991; Emlen, 1994; Rasmussen, 1994; Kawano, 1995; Hunt and Simmons, 1997;
Moczek and Emlen, 1999). Recent experiments on a subset of species demonstrated that
male adult body size is primarily determined by larval feeding conditions and that only
males that exceed a critical threshold body size develop horns, whereas males below
this threshold remain hornless (Emlen, 1994; Hunt and Simmons, 1997, 1998; Moczek,
1998, in press; Emlen and Nijhout, 1999; Moczek and Emlen, 1999). As a consequence of
this threshold action, natural populations of these species are generally composed of two
relatively discrete male shapes (Emlen, 1994; Hunt and Simmons, 1997, 1998; Moczek and
Emlen, 1999).
Male horn dimorphism is widespread, yet closely related species often differ in the scaling
relationship between body size and horn length, especially the critical threshold body size
that separates horned and hornless male phenotypes (Emlen, 1996). Although horn length
was found to exhibit no significant heritable variation in natural populations (Emlen,
1994; Moczek and Emlen, 1999), one study demonstrated that the critical threshold body
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size can respond rapidly to artificial selection (Emlen, 1996). Hence, novel scaling relation-
ships between body size and horn length may evolve through modification of the critical
threshold body size that separates alternate morphs.
Here, we document a case of threshold divergence in two exotic populations of the horn
dimorphic beetle Onthophagus taurus Schreber (Coleoptera: Scarabaeidae). Onthophagus
taurus originally exhibited a Mediterranean distribution (Balthasar, 1963). In the early
1970s, O. taurus was introduced accidentally to North Carolina and, as part of a biocontrol
programme, to Western Australia (Fincher and Woodruff, 1975; Tyndale-Biscoe, 1996).
We show that these exotic populations have diverged in the critical threshold body size
required for horn expression. Using a common garden rearing protocol, we then estimate
the extent to which phenotypic differences between exotic populations are due to genetic
differentiation in the critical threshold body size. We explore possible mechanisms that may
have contributed to the evolution of divergent scaling relationships in these populations,
and use our findings to discuss the origin of allometric diversity in onthophagine beetles.
MATERIALS AND METHODS
Collection of beetles
Onthophagus taurus is common throughout both North Carolina (NC) and Western
Australia (WA). North Carolinian populations were sampled in 1996 (A.P.M.) near
Bahama (Durham County) and in 1997 near Mt. Sinai Road (Orange County). Populations
in Western Australia were sampled in 1997 at Margaret River and in 1998 near Busselton
(J.H.). Beetles were collected using whole dung pad samples. Beetles were either frozen
and stored in ethanol for morphometric measurements or brought to the laboratory for
breeding experiments. About 2000 beetles collected near Busselton (WA) and 1500 beetles
collected at Mt. Sinai Road (NC) were used to found two laboratory colonies for common
garden rearing.
Rearing protocol
Both laboratory colonies were kept in the same insectary at Duke University at 26C
and 60% relative humidity under a 16 :8 light :dark cycle. Beetles were bred (A.P.M.) in
plastic containers (25 cm tall, 20 cm in diameter) filled 3 :4 with a moist sand/soil mixture.
Five pairs of beetles were added to each container (eight containers per colony and week)
and provided with ∼0.5 l of homogenized dung. Six days later, beetles were recaptured and
brood balls were collected and placed in separate containers until emergence. To minimize
inbreeding, individual adult beetles were allowed to produce brood balls only once and
were then removed from the colony. Different generations were kept in separate con-
tainers. Over 1000 individuals were reared each generation for each strain. Great care was
taken to provide both laboratory colonies with the exact same treatment and breeding
set-up.
Morphometric measurements
All male beetles collected in NC in 1996 (n = 143) and WA in 1997 (n = 472), a randomly
selected subset of beetles collected in NC in 1997 (n = 171) and WA in 1998 (n = 172), and a
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randomly selected subset of beetles bred in the laboratory (NC: n = 233; WA: n = 369) were
used to collect morphometric data. All individuals were measured by A.P.M. using a
standard two-dimensional image analysis set-up at the Duke University Morphometrics
Laboratory (for details, see Moczek and Emlen, 1999). We used thorax width as an estimate
for body size (for justification, see Emlen, 1994; Moczek and Emlen, 1999).
Statistical analysis
To describe the average scaling relationship between horn length and body size in field
and laboratory samples, we used a four-parameter non-linear regression model of the
form
horn length = y0 +
a (body size)b
cb + (body size)b
(1)
where y0 specifies minimum horn length, a describes the range of horn lengths in the sample,
b specifies a slope coefficient and c represents the body size at the point of inflection of
the sigmoid. Parameter values were obtained using Sigma Plot curve fitting procedures.
We used c, or the inflection point of the sigmoid, as an estimate of the average body size
threshold at which males switch from the hornless to the horned phenotype. To compare
two samples, we first applied the above regression model to both samples combined
(= simple model) and determined the parameter values that maximized the likelihood L of
our data given this model using the likelihood function:
L(σ2, a, b, c, y0; x) =
1
(2π σ2)n/2
exp − 12 σ2 
n
i = 1
(yi − ŷ (a, b, c, y0; xi)
2 (2)
where xi = body size of male i, σ
2 = the variance of the data about the fitted values, n = the
number of beetles in the combined sample and
ŷi(a, b, c, y0; x) = y0 +
axb
cb + axbi
(3)
We then repeated this analysis for each sample separately (complex model). We obtained a
P-value by comparing the test statistic
T = 2 ln (likelihood of the complex model/likelihood of the simple model) (4)
to a χ2 distribution with degrees of freedom equal to the difference in the number of
parameters between the two models (Edwards, 1972; Weir, 1990). If significant differences
were indicated, we used repeated Welch’s t-tests to examine the extent to which dif-
ferences in particular regression parameters, such as the inflection point or slope, explained
allometric differences between samples (Sachs, 1992; Sokal and Rohlf, 1995).
Male body size was analysed using standard analysis of variance (ANOVA) and repeated
t-tests for pairwise contrasts. Morph ratios were obtained by counting males on both
sides of the inflection point of the sigmoidal regression generated for each sample and
compared using multiple χ2-tests. All significance levels were corrected for multiple
comparisons using sequential Bonferroni correction procedures (Sachs, 1992; Sokal and
Rohlf, 1995). Unless otherwise noted, all data are presented as the mean ± standard error.
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RESULTS
Field samples
In all samples obtained from both NC and WA populations, only males above a critical
body size expressed horns, whereas males below this critical threshold remained hornless,
resulting in similarly shaped horn length–body size allometries in all samples (Fig. 1).
However, populations differed significantly – in some cases dramatically – in the average
scaling relationship between horn length and body size, largely due to significant differences
in the exact location of the critical body size threshold that separates alternative male
morphs (Table 1). Both NC populations began to express the horned male phenotype at
thorax widths of approximately 4.8 mm (mean inflection point: 5.00 ± 0.011 mm), whereas
WA populations continued to produce only the hornless phenotype at this range and began
to switch to the horned male phenotype only once beetles exceeded a thorax width of
approximately 5.2 mm (mean inflection point: 5.31 ± 0.027 mm; Fig. 1). Differences in
inflection points remained significant when samples collected in different years were com-
pared, suggesting that allometric differences persist in the field across generations (Fig. 1).
While the NC populations did not differ significantly in any model parameters when
compared to each other, the two WA populations differed slightly in threshold body size
(T172 = 2.83; P < 0.01, non-significant after correction for multiple comparisons) as well as
in slope (T172 = 2.62; P < 0.01, non-significant after correction for multiple comparisons),
suggesting the existence of subtle local or seasonal variation in horn length–body size
allometries among WA populations. We also detected small differences in slope in one other
pairwise comparison (Mt. Sinai, NC, 1997 vs Busselton, WA, 1998; T171 = 3.19, P < 0.01),
which, however, also became non-significant after corrections for multiple comparisons
were applied. We found no significant differences between any field-collected samples for
amplitude or minimum horn length.
Mean male body sizes differed slightly but significantly between samples (F3,954 = 5.78;
P < 0.001). However, these differences did not appear to be correlated with the origin of
the respective populations, as the two WA population samples accounted for both the
highest and lowest mean male body size (Table 1). North Carolinian and WA populations
also exhibited significant differences in morph ratios. Both WA populations exhibited
substantially higher relative frequencies of hornless males than their North Carolinian
counterparts (Table 1).
Beetles reared in a common environment
A considerable portion of the phenotypic differences observed between field collected indi-
viduals was maintained after rearing beetle colonies for two generations in the laboratory
under identical conditions (T233 = 14.92; P < 0.01; Fig. 2). Laboratory colonies descended
from NC and WA populations did not differ significantly in any of the model parameters
when compared to NC and WA field populations, respectively (Table 1). Instead, both
laboratory colonies maintained a mean difference in inflection points (0.345 mm) similar to
mean differences observed between field-collected animals (0.318 ± 0.0167 mm). Combined,
these findings suggest a strong genetic component to differences in scaling relationships
between NC and WA populations. Interestingly, both laboratory colonies exhibited signifi-
cantly smaller mean male body sizes after two generations than field-collected individuals
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Fig. 1. (a) Typical morphology of hornless and horned male O. taurus (drawings by Shane Richards).
(b) Scaling relationship of horn length and body size of male O. taurus collected in two different years
and locations in North Carolina (open dots and dashed line) and Western Australia (solid dots and
lines), respectively. Lines represent best-fit non-linear regressions (see text for details and Table 1 for
parameter values).
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(P < 0.01 for each comparison; Table 1). However, morph ratios remained significantly
different between both strains, with a substantially higher frequency of hornless males in
the WA colony (χ2-test, P < 0.05; Table 1).
DISCUSSION
The significance of threshold characters in the evolution of phenotypic diversity has
received much attention (Schmalhausen, 1949; West-Eberhard, 1989, 1992; Roff, 1996).
However, surprisingly little is known about the extent to which developmental thresholds
evolve in natural populations and the consequences of such evolution for patterns of
morphological diversity (Moczek and Nijhout, in press). Here, we document a case of
evolutionary divergence in body size thresholds in recently established populations of the
polyphenic dung beetle O. taurus. North Carolinian and Western Australian populations
differed significantly, and heritably, in the location of the threshold body size that separates
alternative horned and hornless male phenotypes, resulting in substantial differences in the
average scaling relationship between horn length and body size in these populations.
Horn polyphenism is common in the genus Onthophagus, and many species express
similar horned and hornless male phenotypes and exhibit similar horn length–body size
allometries. However, congeners often differ distinctly in the location of the threshold body
size (Emlen, 1996), a pattern also observed in other beetle taxa (e.g. Kawano, 1995). This
suggests that one major avenue of beetle horn evolution involves shifts in the threshold
Fig. 2. Scaling relationship of horn length and body size of male O. taurus derived from field popula-
tions in North Carolina (open dots and dashed line) and Western Australia (solid dots and line) after
beetles were reared for two generations in the laboratory under identical conditions. Lines represent
best-fit non-linear regressions (see text for details and Table 1 for parameter values).
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employed in the polyphenic development of horns. The threshold divergence between NC
and WA populations documented in the present study is of a magnitude similar to some of
the differences observed between species (Emlen, 1996) and sister species (A.P. Moczek and
H.F. Nijhout, unpublished). These data, therefore, raise the possibility that substantial
allometric differentiation can evolve rapidly in geographically isolated populations, and
may well precede the subsequent evolution of reproductive isolation. However, the
evolutionary mechanisms that may have caused exotic O. taurus populations to diverge in
their allometries are unclear.
In the case of exotic populations founded by an accidental introduction, such as the
introduction of O. taurus to North Carolina, random genetic drift appears to be a particu-
larly likely contributor to allometric divergence. Even though the introduction of O. taurus
to Western Australia was deliberate and involved at least 36 releases between 1969 and
1983 consisting of 500–1800 individuals per release (Tyndale-Biscoe, 1996), it is still pos-
sible that genetic drift could have played an important role in the evolution of new body size
thresholds. For example, knowledge of the exact habitat requirements of O. taurus at the
time of introduction was limited and several releases were conducted in regions or at times
during the season where it would have been difficult for this species to establish itself
(Tyndale-Biscoe, 1996; J. Feehan and T. Weir, personal communication). Genetic drift
due to local extinctions may also, therefore, have contributed to threshold divergences in
Western Australian populations. If this is correct, then present-day allometries in North
Carolinian and Western Australian populations should reflect pre-existing allometric
variation in the native range of this species. To test this notion, we have begun to explore
patterns of allometric variation in the native, circum-mediterranean range of O. taurus.
Alternatively, allometric differentiation between NC and WA populations could have
been a response to divergent selective environments. Male horn polyphenism in O. taurus
plays an important role in male reproductive behaviour, as the two male morphs use dis-
tinctly different alternative reproductive tactics to secure breeding opportunities (Moczek
and Emlen, 2000). Large, horned males rely exclusively on aggressive fighting behaviours
involving the use of horns as weapons. Although body size is the main determinant of
fighting success, the possession of long horns confers an additional advantage to males that
engage in fights (Emlen, 1997; Moczek and Emlen, 1999). In contrast, smaller, hornless
males rely on non-aggressive sneaking behaviours to circumvent larger, horned males, and
horn possession appears detrimental to the performance of small males that engage in
sneaking behaviours (Emlen, 1997; Moczek and Emlen, 2000). Under such conditions, only
males large enough to succeed in fights would benefit from developing horns. Smaller males
may gain higher fitness by engaging in sneaking rather than fighting behaviours and should,
therefore, remain hornless. Such a selection environment would favour genotypes that
match the morphological switch from no to complete horn expression to the body size at
which the fitness gained from sneaking becomes outweighed by the fitness gained from
engaging in fights (Emlen, 1997; Moczek and Emlen, 1999, and references therein).
However, the optimal body size at which to switch from sneaking to fighting behaviours
may vary as a function of external conditions. For example, changes in the average body size
of competing males would change the composition of males with which a given male has
to compete. Changes in size distribution may, therefore, favour corresponding shifts in the
threshold for producing horns (Emlen, 1997; Moczek, in press). Alternatively, changes in
the frequencies of encounters between competing males via changes in local densities may
alter the relative profitability of each tactic. For example, an increase in the density of
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competing males may allow only but the very largest males to benefit from engaging in
fights. Consequently, sneaking behaviour would become profitable over a wider range of
body sizes, which, in turn, would favour a corresponding shift of the threshold for horn
production to larger body sizes. Differences in ecological or demographic conditions may,
therefore, result in the evolution of divergent threshold body sizes in geographically isolated
populations of onthophagine beetles. Comparative sampling of eastern US and Western
Australian populations has so far shown no evidence for differences in body size ranges,
but indicates substantial and consistent differences in population densities (Moczek, 2002).
We are currently exploring the extent to which differences in these factors indeed select for
different threshold locations.
The evolutionary potential of polyphenisms
Evolutionary changes in all morphological traits ultimately result from genetic modifi-
cations of the developmental mechanisms that produce them (West-Eberhard, 1989,
1992; Moran, 1992; Schlichting and Pigliucci, 1998). This is particularly obvious in
phenotypically plastic traits. As the phenotype depends in part on the environment, plastic
traits generally have very low heritabilities (Roff, 1996). Evolution of these traits may,
therefore, proceed primarily via genetic changes of components of the developmental
machinery that produces the plastic trait. However, these mechanisms often remain obscure
and it is generally difficult to link specific changes in a regulatory mechanism to observed
evolutionary modifications of a phenotype.
Polyphenic development provides an exception to this rule. Polyphenisms are a common
extreme of phenotypically plastic trait expression and rely on the existence of threshold
responses to produce several discrete phenotypes, as opposed to a graded range of forms
(Stearns, 1989; Nijhout, 1994; Roff, 1996). Threshold responses, such as those implemented
in polyphenic development, are essential components of most physiological and develop-
mental processes, yet have only relatively recently regained attention from evolutionary
biologists (e.g. Schmalhausen, 1949; Hazel and West, 1982; West-Eberhard, 1989,
1992; Kingsolver, 1995; Emlen, 1996, 2000; Roff, 1996; Zera and Denno, 1997; Hazel et al.,
1998; Schlichting and Pigliucci, 1998; Lively et al., 1999; Nijhout, 1999; Tomkins, 1999).
Although few polyphenisms are understood well from an evolutionary perspective, it is
clear that the developmental machinery that underlies them has the potential to provide
ample opportunities for evolutionary modifications, and hence needs to be recognized as an
important avenue of phenotype evolution (Zera and Tiebel, 1989; Zera and Tobe, 1990;
Rountree and Nijhout, 1995; Gu and Zera, 1995; Zera and Zhang, 1995; Zera et al., 1996;
Zera and Tanaka, 1996; Roff et al., 1997; Emlen, 2000; Moczek and Nijhout, in press).
Furthermore, even relatively minor evolutionary changes in the control mechanisms under-
lying polyphenic trait expression have the potential to cause major morphological or
life-history divergences between populations. For example, lacewings, Chrysopa carnea
(Neuroptera), incorporate a threshold sensitivity to changes in daylength that regulates the
polyphenic switch between direct development and overwintering diapause (Tauber and
Tauber, 1970). Surveys of natural lacewing populations spanning a range of latitudes and
climates revealed large-scale differences among populations in the critical daylength at
which developing lacewings initiated diapause. These population differences persisted in a
common garden experiment, suggesting evolutionary divergence between populations with
respect to this developmental threshold (Tauber and Tauber, 1972, 1982). Tomkins (1999)
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found differences in the scaling relationship between forceps length and body size that
generated differences in the ratio of brachylabic to macrolabic morphs between two island
populations of the earwig Forficula auricularia, and these differences also persisted in
common garden rearing experiments. Furthermore, many reptiles incorporate a threshold
temperature into a polyphenic mechanism of sex determination (e.g. Crews et al., 1994)
and, in snapping turtles, there is heritable variation in the critical temperature for switching
between female and male development (Bobyn and Brooks, 1994). Our present comparison
of Australian and US populations of the horn-polyphenic beetle O. taurus adds another
example, and illustrates that the threshold response underlying the expression of alternative
male morphologies evolves in natural (or at least introduced) conditions and has the poten-
tial to generate highly divergent scaling relationships between populations. Since polyphenic
development is a central component in the production of a great diversity of phenotypes
in a much wider range of taxa than currently under study, we believe that we are only now
beginning to appreciate its role in the genesis of morphological diversity.
ACKNOWLEDGEMENTS
We thank H.F. Nijhout for many helpful discussions and his support and guidance over the years.
Special thanks go to D. Higdon and the Duke University Statistical Consulting Center for developing
the likelihood analysis and expert advice on the statistical analysis of allometric differences, and to
L. Mojonnier for helpful comments on earlier versions of the manuscript. We also thank J. Mercer
and the Duke Morphometrics Laboratory for access to equipment, H.F. Nijhout for insectary space
and S. Richards for his excellent drawings of O. taurus. For access to their property to collect beetles
and beetle food, we are thankful to P. and M. Klopfer, Bryant Dodson and the Mapleview Farm.
A.P.M. was supported by the Departments of Zoology and Biology, Duke University, a National
Science Foundation Dissertation Improvement grant IBN 9972567, a Sally Hughes-Schrader Inter-
national Fellowship, a Duke University Grant for International Studies, a Robert R. Bryden/North
Carolina Academy of Science Fellowship, a Sigma Xi Grant-in-Aid of Research and a Katheryn Stern
Fellowship. D.J.E. is funded by National Science Foundation Grant IBN 9807932. J.H. is funded by
an Australian Postgraduate Award and L.W.S. by the Australian Research Council. We thank Rohm
and Haas Inc. for providing a research sample of Kelthane free of charge.
REFERENCES
Ahlroth, P., Alatalo, R.V., Hyvärinen, E. and Suhonen, J. 1999. Geographical variation in wing
polymorphism in the waterstrider Aquarius najas (Heteroptera: Gerridae). J. Evol. Biol., 12:
156–160.
Balthasar, V. 1963. Monographie der Scarabaeidae und Aphodiidae der palaearktischen und
orientalischen Region (Coleoptera: Lamellicornia), Band 2, Coprinae. Prague: Verlag der tschecho-
slowakischen Akademie der Wissenschaften.
Bobyn, M.L. and Brooks, R.J. 1994. Interclutch and interpopulation variation in the effects of
incubation conditions on sex, survival and growth of hatchling turtles. J. Zool., 233: 233–257.
Cook, D. 1987. Sexual selection in dung beetles. I. A multivariate study of morphological variation
in two species of Onthophagus. Austral. J. Zool., 35: 123–132.
Crespi, B.J. 1988. Adaptation, compromise and constraint: the development, morphometrics,
and behavioral basis of a fighter-flier polymorphism in male Hoplothrips karni (Insecta:
Thysanoptera). Behav. Ecol. Sociobiol., 23: 93–104.
Threshold evolution in a polyphenic beetle 597
Crews, D., Bergeon, J.M., Bull, J.J., Flores, D., Tousignant, A., Skipper, J.K. and Wibbels, T.
1994. Temperature-dependent sex determination in reptiles: proximate mechanisms, ultimate
outcomes, and practical applications. Dev. Gen., 15: 297–312.
Denno, R.F., Douglass, L.W. and Jacobs, D. 1986. Effects of crowding and host plant nutrition on a
wing-dimorphic planthopper. Ecology, 67: 116–123.
Denno, R.F., Roderick, G., Peterson, M.A., Huberty, A.F., Döbel, H.G., Eubanks, M.D., Losey, J.E.
and Langellotto, G.A. 1996. Habitat persistence underlies intraspecific variation in the dispersal
strageties of planthoppers. Ecol. Monogr., 66: 389–408.
Denver, R.J. 1997. Environmental stress as a developmental cue: corticotropin-releasing hormone is
a proximate mediator of adaptive phenotypic plasticity in amphibian metamorphosis. Hormones
and Behavior, 31: 169–179.
de Wilde, H. and Beetsma, J. 1982. The physiology of caste development in social insects. Adv. Insect
Physiol., 19: 167–246.
Eberhard, W.G. 1982. Beetle horn dimorphism: making the best of a bad lot. Am. Nat., 119:
420–426.
Eberhard, W.G. and Gutierrez, E. 1991. Male dimorphisms in beetles and earwigs and the question
of developmental constraints. Evolution, 45: 18–28.
Edwards, A.W.F. 1972. Likelihood. Cambridge: Cambridge University Press.
Emlen, D.J. 1994. Environmental control of horn length dimorphism in the beetle Onthophagus
acuminatus (Coleoptera: Scarabaeidae). Proc. R. Soc. Lond. B, 256: 131–136.
Emlen, D.J. 1996. Artificial selection on horn length–body size allometry in the horned beetle
Onthophagus acuminatus (Coleoptera: Scarabaeidae). Evolution, 50: 1219–1230.
Emlen, D.J. 1997. Alternative reproductive tactics and male-dimorphism in the horned beetle
Onthophagus acuminatus (Coleoptera: Scarabaeidae). Behav. Ecol. Sociobiol., 41: 335–341.
Emlen, D.J. 2000. Integrating development with evoluation:  a case study with beetle horns. Bio-
science, 50: 403–418.
Emlen, D.J. and Nijhout, H.F. 1999. Hormonal control of male horn length dimophism in the
dung beetle Onthophagus taurus (Coleoptera: Scarabaeidae). J. Insect Physiol., 45: 45–53.
Endo, K. and Funatsu, S. 1985. Hormonal control of seasonal morph determination in the
swallowtail butterfly, Danaus plexippus. J. Insect Physiol., 31: 669–674.
Fincher, G.T. and Woodruff, R.E. 1975. A European dung beetle, Onthophagus taurus Schreber, new
to the U.S. (Coleoptera: Scarabaeidae). Coleopt. Bull., 29: 349–350.
Grant, J.W.G. and Bayly, I.A.E. 1981. Predator induction in morphs of the Daphnia carinata King
complex. Limnol. Oceanogr., 26: 201–218.
Grayson, J. and Edmunds, M. 1989. The causes of colour and colour change in caterpillars of the
poplar and eyed hawkmoths (Laothoe populi and Smerinthus ocellata). Biol. J. Linn. Soc.,
37: 263–279.
Greene, E. 1989. A diet-induced developmental polymorphism in a caterpillar. Science, 243:
643–646.
Greene, E. 1996. Effect of light quality and larval diet on morph induction in the polymorphic
caterpillar Nemoria arizonaria (Lepidoptera: Geometridae). Biol. J. Linn. Soc., 58: 277–285.
Gross, M.R. 1996. Alternative reproductive strategies and tactics: diversity within sexes. Trends
Ecol. Evol., 11: 92–98.
Gross, M.R. and Repka, J. 1998. Stability with inheritance in the conditional strategy. J. Theor. Biol.,
192: 445–453.
Gu, X. and Zera, A.J. 1995. Quantitative genetics of juvenile hormone esterase, juvenile hormone
binding and general esterase activity in the cricket Gryllus assimilis. Heredity, 76: 136–142.
Hardie, J. 1987. The corpus allatum, neurosecretion and photoperiodically controlled polymorphism
in an aphid. J. Insect Physiol., 33: 201–205.
Harris, R.N. 1987. Density-dependent paedomorphosis in the salamander Notophthalmus
viridescens dorsalis. Ecology, 68: 705–712.
Moczek et al.598
Harrison, R.G. 1979. Flight polymorphism in the field cricket Gryllus pennsylvanicus. Oecologia,
40: 125–132.
Hazel, W.N. and Smock, R. 1993. Modeling selection on conditional strategies in stochastic
environments. In Adaptation in Stochastic Environments (J. Yoshimura and C.W. Clark, eds),
pp. 147–154. Berlin: Springer-Verlag.
Hazel, W.N. and West, D.A. 1979. Environmental control of pupal colour in swallowtail butterflies
(Lepidoptera: Papilioninae): Battus philenor (L.) and Papilio polyxenes Fabr. Ecol. Entomol.,
4: 393–400.
Hazel, W.N. and West, D.A. 1982. Pupal colour dimorphism in swallowtail butterflies as a threshold
trait: selection in Eurytides marcellus (Cramer). Heredity, 49: 295–301.
Hazel, W.N., Smock, R. and Johnson, M.D. 1990. A polygenic model for the evolution and
maintenance of conditional strategies. Proc. R. Soc. Lond. B, 242: 181–187.
Hazel, W.N., Ante, S. and Stringfellow, B. 1998. The evolution of environmentally-cued pupal colour
in swallowtail butterflies: natural selection for pupation site and pupal colour. Ecol. Entomol.,
23: 41–44.
Hunt, J. and Simmons, L.W. 1997. Patterns of fluctuating asymmetry in beetle horns: an
experimental examination of the honest signalling hypothesis. Behav. Ecol. Sociobiol., 41:
109–114.
Hunt, J. and Simmons, L.W. 1998. Patterns of parental provisioning covary with male morphology
in a horned beetle (Onthophagus taurus) (Coleoptera: Scarabaeidae). Behav. Ecol. Sociobiol.,
42: 447–451.
Kawano, K. 1995. Habitat shift and phenotypic character displacement in sympatry of two closely
related rhinoceros beetle species (Coleoptera: Scarabaeidae). Ann. Entomol. Soc. Am., 88:
641–652.
Kingsolver, J.G. 1995. Fitness consequences of seasonal polyphenism in western white butterflies.
Evolution, 49: 942–954.
Koch, P.B. and Bückmann, D. 1987. Hormonal control of seasonal morphs by the timing of
ecdysteroid release in Araschnia levana (Nymphalidae: Lepidoptera). J. Insect Physiol., 33:
823–829.
Lively, C.M. 1986a. Predator-induced shell dimorphism in the acorn barnacle Chtamalus anisopoma.
Evolution, 40: 232–242.
Lively, C.M. 1986b. Competition, comparative life histories, and maintenance of shell dimorphism in
a barnacle. Ecology, 67: 858–864.
Lively, C.M., Hazel, W.N., Schellenberger, M.J. and Michelson, K.S. 1999. Predator-induced defense:
variation for inducibility in an intertidal barnacle. Ecology, 81: 1240–1247.
Moczek, A.P. 1998. Horn polyphenism in the beetle Onthophagus taurus: larval diet quality and
plasticity in parental investment determine adult body size and male horn morphology. Behav.
Ecol., 9: 636–641.
Moczek, A.P. 2002. The evolution of polyphenic development in the beetle Onthophagus taurus
(Coleoptera: Scarabaeidae). Doctoral dissertation, Duke University, Durham, NC.
Moczek, A.P. in press. Allometric plasticity in a polyphenic beetle. Ecol. Entomol.
Moczek, A.P. and Emlen, D.J. 1999. Proximate determination of male horn dimorphism in the beetle
Onthophagus taurus (Coleoptera: Scarabaeidae). J. Evol. Biol., 12: 27–37.
Moczek, A.P. and Emlen, D.J. 2000. Male horn dimorphism in the scarab beetle Onthophagus taurus:
do alternative reproductive tactics favor alternative phenotypes? Anim. Behav., 59: 459–466.
Moczek, A.P. and Nijhout, H.F. in press. Developmental mechanisms of threshold evolution in a
polyphenic beetle. Evol. Devel.
Moran, N. 1992. The evolutionary maintenance of alternative phenotypes. Am. Nat., 139: 971–989.
Nijhout, H.F. 1994. Insect Hormones. Princeton, NJ: Princeton University Press.
Nijhout, H.F. 1999. Control mechanisms of polyphenic development in insects. Bioscience, 49:
181–192.
Threshold evolution in a polyphenic beetle 599
Okkut-Kotber, B.M. 1980. The influence of juvenile hormone analogue on soldier differentiation in
the higher termite, Macrotermes michailseni. Phys. Entomol., 5: 407–416.
Paulian, R. 1935. Le polymorphisme des males de coléopteres. In Exposés de biométrie et statistique
biologique IV. Actualités scientifiques et industrielles, Vol. 255 (G. Tessier, ed.), pp. 1–33.
Paris: Hermann et Cie.
Pener, M.P. 1991. Locust phase polymorphism and its endocrine relations. Adv. Insect Physiol.,
23: 1–79.
Pfennig, D. 1990. The adaptive significance of an environmentally-cued developmental switch in an
anuran tadpole. Oecologia, 85: 101–107.
Radwan, J. 1993. The adaptive significance of male polymorphism in the acarid mite Caloglyphus
berlesei. Behav. Ecol. Sociobiol., 33: 201–208.
Rasmussen, J.L. 1994. The influence of horn and body size on the reproductive behavior of the
horned rainbow scarab beetle Phanaeus difformis (Coleoptera: Scarabaeidae). J. Insect Behav.,
7: 67–82.
Roff, D.E. 1994. The evolution of dimorphic traits: predicting the genetic correlation between
environments. Genetics, 136: 395–401.
Roff, D.E. 1996. The evolution of threshold traits in animals. Q. Rev. Biol., 71: 3–35.
Roff, D.E., Stirling, G. and Fairbairn, D.J. 1997. The evolution of threshold traits: a quantitative
genetic analysis of the physiological and life-history correlates of wing dimorphism in the sand
cricket. Evolution, 51: 1910–1919.
Rountree, D.B. and Nijhout, H.F. 1995. Hormonal control of a seasonal polyphenism in Precis
coenia (Lepidoptera: Nymphalidae). J. Insect Physiol., 41: 987–992.
Sachs, L. 1992. Angewandte Statistik. Berlin: Springer-Verlag.
Schlichting, C.D. and Pigliucci, M. 1998. Phenotypic Evolution: A Reaction Norm Perspective.
Sunderland, MA: Sinauer Associates.
Schmalhausen, I.I. 1949. Factors of Evolution. Chicago, IL: University of Chicago Press.
Semlitsch, R.D. and Wilbur, H.M. 1989. Artificial selection for paedomorphosis in the salamander
Ambystoma talypoideum. Evolution, 43: 105–112.
Semlitsch, R.D., Harris, R.N. and Wilbur, H.M. 1990. Paedomorphosis in Ambystoma
talpoideum: maintenance of population variation and alternative life-history pathways. Evolution,
44: 1604–1613.
Shapiro, A.M. 1976. Seasonal polyphenism. Evol. Biol., 9: 259–333.
Smith, A.G. 1978. Environmental factors influencing pupal colour in Lepidoptera. I. Experiments
with Papilio polytes, Papilio demoleus, and Papilio polyxenes. Proc. R. Soc. Lond. B, 200:
295–329.
Sokal, R.R. and Rohlf, F.J. 1995. Biometry. New York: W.H. Freeman.
Starnecker, G. and Hazel, W. 1999. Convergent evolution of neuroendocrine control of phenotypic
plasticity in pupal colour in butterflies. Proc. R. Soc. Lond. B, 266: 2409–2412.
Stearns, S.C. 1989. The evolutionary significance of phenotypic plasticity. Bioscience, 39: 436–445.
Tauber, C.A. and Tauber, M.J. 1982. Evolution of seasonal adaptations and life history traits
in Chrysopa: response to diverse selective pressures. In Evolution and Genetics of Life Histories
(H. Dingle and J.P. Hegmann, eds), pp. 51–72. New York: Springer-Verlag.
Tauber, M.J. and Tauber, C.A. 1970. Photoperiodic induction and termination of diapause in an
insect: response to changing day lengths. Science, 167: 170.
Tauber, M.J. and Tauber, C.A. 1972. Geographic variation in critical photoperiod and in diapause
intensity of Chrysopa carnea (Neuroptera). J. Insect Physiol., 18: 25–29.
Tomkins, J.L. 1999. Environmental and genetic determinants of the male forceps length dimorphism
in the European earwig Forficula auricularia L. Behav. Ecol. Sociobiol., 47: 1–8.
Tyndale-Biscoe, M. 1996. Australia’s Introduced Dung Beetles: Original Releases and Redistributions,
Technical Report No. 62. Canberra, ACT: CSIRO, Division of Entomology.
Velthius, H.H.W. 1976. Environmental, genetic and endocrine influences in stingless bee caste
Moczek et al.600
determination. In Phase and Caste Determination in Insects: Endocrine Aspects (M. Lüscher, ed.),
pp. 35–53. New York: Pergamon Press.
Weaver, N. 1957. Effects of larval age on dimorphic differentiation of the female honey bee. Ann.
Entomol. Soc. Am., 50: 283–294.
Weir, B.S. 1990. Genetic Data Analysis. Sunderland, MA: Sinauer Associates.
West-Eberhard, M.J. 1989. Phenotypic plasticity and the origins of diversity. Annu. Rev. Ecol. Syst.,
20: 249–278.
West-Eberhard, M.J. 1992. Behavior and evolution. In Molds, Molecules and Metazoa: Growing
Points in Evolutionary Biology (P.R. Grant and H.S. Grant, eds), pp. 57–75. Princeton, NJ:
Princeton University Press.
Wheeler, D.E. 1986. Developmental and physiological determinants of caste in social hymenoptera:
evolutionary implications. Am. Nat., 128: 13–34.
Wheeler, D.E. 1991. Developmental basis of worker caste polymorphism in ants. Am. Nat., 138:
1218–1238.
Wheeler, D.E. and Nijhout, H.F. 1983. Soldier determination in Pheidole bicarinata: effect of
methophrene on caste and size within castes. J. Insect Physiol., 29: 847–854.
Zera, A.J. and Denno, R.F. 1997. Physiology and ecology of dispersal polymorphism in insects.
Annu. Rev. Entomol., 42: 207–231.
Zera, A.J. and Tanaka, S. 1996. The role of juvenile hormone and juvenile hormone esterase in wing
morph determination in Modicogryllus confirmatus. J. Insect Physiol., 42: 909–915.
Zera, A.J. and Tiebel, K.C. 1989. Differences in juvenile hormone esterase activity between
presumptive macropterous and brachypterous Gryllus rubens: implications for the hormonal
control of wing polymorphism. J. Insect Physiol., 35: 7–17.
Zera, A.J. and Tobe, S. 1990. Juvenile hormone III biosynthesis in presumptive long-winged and
short-winged Gryllus rubens: implications for the endocrine regulation of wing dimorphism.
J. Insect Physiol., 36: 271–280.
Zera, A.J. and Zhang, C. 1995. Evolutionary endocrinology of juvenile hormone esterase in Gryllus
assimilis: direct and correlated responses to selection. Genetics, 141: 1125–1134.
Zera, A.J., Sall, J. and Schwartz, R. 1996. Artificial selection on JHE activity in Gryllus assimilis:
nature of activity differences between lines and effect of JH binding and metabolism. Arch. Insect
Biol. Physiol., 32: 421–428.
Threshold evolution in a polyphenic beetle 601

